Decisions regarding invasive risk of exotic species are often based on species distribution models projected onto the recipient region of interest. Such projections are essentially a measure of prior belief in the ability of an organism to invade. Whilst many decisions are made on the basis of such projections, it is less clear how such prior belief may be empirically modified on the basis of data, in particular introduction events that haven't led to establishment. Here, using the Asian green mussel (Perna viridis) as an example, we illustrate how information on failed introduction attempts may be used to continually update our beliefs in the ability of an organism to invade per introduction, and the underlying habitat suitability for establishment. Our results show that the establishment probability of P. viridis per fouled ship visit in the supposedly favourable northern Australian waters are much lower than initially though, and are continuing to decline. A Bayesian interpretation of our results notes the dramatic reduction in our belief of the ability of P. viridis to invade in the light of what we estimate to be 100's of fouled vessels per year visiting ports without any persistent populations establishing. Under a hypothetico-deductive approach we would reject the null (prior) species distribution model as being useful, and seek to find a better one that can withstand the challenge of data.
Introduction
Understanding and predicting the distribution and abundance of an invasive species in a new environment is a fundamental question in invasion ecology, as it is with ecology more generally (Krebs 2009 ). Species distribution models (SDMs) have increasingly been used for this task-see Elith and Leathwick (2009) for a review of fitting SDMs, and Elith et al. (2010) for issues relating to building SDMs for rangeshifting species. The time and effort required to generate an SDM are minuscule in comparison to those needed to test the resulting projections. Indeed, one could argue the ecological world is being ''overrun'' by SDMs. Any working ecologist will admit the answers to questions of the distribution and abundance of organisms are often complex and site-specific. Increasingly, in an evidence-based policy environment, biosecurity decisions relating to potentially invasive alien species are made on the basis of SDM predictions-which species are at most risk of establishing and spreading following entry. Such predictions are often overlaid on asset layers, as a means of estimating impact, and form the basis of management decisions (e.g. Paini et al. 2018) .
We note, however, it is becoming increasingly apparent that SDMs, especially those fitted to climatic data alone, don't reliably project well to new environments (Beale and Lennon 2011) . This should come as no surprise, as the problems of projecting statistical models beyond the training data are well known historically. So a priori, we expect that some SDM predictions will be in error-species predicted as able to establish in fact can't, and vice versa. Such underlying uncertainty is often hard to quantify, and rarely presented. In fact, conversely, the graduated graphics of species distribution models give the impression of detailed, precise underlying prediction. The focus to date has generally been on SDMs underpredicting within invaded ranges (e.g. Fitzpatrick et al. 2007) , and what may be the underlying cause (e.g. model over-fitting), and possible remedies (Elith et al. 2010) . Instances of over-prediction are much less commonly reported on, but note the possibility of some selection bias in operation-studies tend to focus on those species that have already successfully invaded new regions.
Given these underlying problems with SDM predictions, it makes sense to treat them as a measure of prior belief in the ability of an organism to establish. It follows that such beliefs should be updated as additional data come to hand, or alternative methods are applied.
An obvious source of additional data is introduction effort. It is widely accepted that the greater the number of introduction events (propagules), and the number of individuals involved (propagule size), the greater the probability of establishment, for reasons of surviving environmental and/or demographic stochasticity, overcoming Allee effects (if applicable), and having sufficient genetic variation (if needed) to adapt to local conditions and thus become self-sustaining (see Blackburn et al. 2009 ). Under this premise, establishment is possible, given enough attempts. The exact probability per introduction attempt (or per propagule) is rarely known (or estimated).
This paper addresses how we may update beliefs regarding both habitat suitability and establishment ability in the light of additional knowledge arising from failed introductions. Specifically it explores, how to update our beliefs regarding a species ability to establish using knowledge of introduction failures. The concepts are illustrated via a case study of introductions and establishment success of the Asian green mussel (Perna viridis) into Australia. Two key questions are addressed. First, can P. viridis establish in Australia given that it is introduced? Second, if it can establish, what is the likelihood of this happening per introduction event, and cumulatively accounting for all introduction events? These questions are tackled empirically using a hiearchical Bayesian model that incorporates the current approach rate of P. viridis fouled vessels into Australia over the last 50 years, with a temperature based species distribution model that reflects current beliefs regarding invasion risk.
Methods

Background: Asian green mussel establishment risks
During the 1990s, there was increasing concern with human-mediated changes to marine environments, with particular concern as to human-mediated introductions of exotic marine species through shipping traffic (ballast water, hull fouling) and aquaculture (Cariton and Geller 1993; Thresher 1999) . Temperate marine habitats appeared particularly prone to colonization of exotic species [though note that Thresher (1999) considered that research had been biased these habitats at the time]. For example, by 1996, Port Phillip Bay was host to 99 introduced marine species, representing c. 8% of all recorded species (Hewitt et al. 2004) . At the time, the rate of invasions was thought to be increasing as a result of increased shipping traffic, although changes in sampling effort were also considered a possible explanation, and reported discoveries of species considered non-indigenous peaked in this location in the 1970s (Hewitt et al. 2004) [in contrast to the broader findings of Seebens et al. (2017) ]. In response, invasive species threat lists were generated (e.g. Hayes et al. 2005) , ballast water management risk assessments undertaken (e.g. Barry et al. 2008) , and protocols implemented domestically and internationally.
The Asian green mussel was identified as a species of invasion concern for Australia on the basis of shipmediated invasion history in other regions, the presence of demonstrated shipping vectors, and its ability to cause harm (Hayes and Sliwa 2003) . Native to the Indo-Pacific region, this species has been invasive when introduced outside its native range, displacing local native species (NIMPIS 2014; Baker et al. 2007 ). Further to its potentially invasive nature of marine ecosystems, P. viridis is a serious biofouling pest of hard substrates including vessels and industrial infrastructure (NIMPIS 2014).
Individuals of P. viridis have been detected on several vessels during routine vessel inspections since 1999, including evidence of spawning from some of these detections in Australian waters. This has generated concern that the establishment of P. viridis in Australia may be imminent.
Using simple matching criteria, P. viridis certainly fits the profile of a high risk species-it has a history of invasiveness when introduced outside its native range (Benson et al. 2001; Stafford et al. 2007) , and would find the water temperature range across much of northern Australia within its tolerances . Indeed, P. viridis was rated as one of the ten most likely invaders using a measure of environmental similarity (Hayes et al. 2005) . In response to this perceived high risk, considerable resources are spent controlling and screening for this species.
A SDM based on water temperature Biological factors affecting the culture of P. viridis include, among others, water temperature, water salinity, and nutrient availability (Vakily 1989) . The reported 50% survival temperature tolerance range for P. viridis is 10-35 C, with an optimal range of 26-32 C (Sivalingam 1977) . The 50% survival salinity tolerance range for P. viridis is reported as 24-80 ppt (Sivalingam 1977) , with an optimal range of 27-65 ppt. A wide range of chlorophyll-a levels was deemed suitable for sustaining P. viridis culture, with 17-40 lg/l water (Cheong 1982 ) and 3.5-5.2 lg/l (Sivalingam 1977) reported as suitable.
Sea surface temperature (SST) is the most common environmental variable used to predict the potential distribution of P. viridis (Summerson et al. 2007; Hayes et al. 2008 ). Whilst a model based on SST can be viewed as simplistic, it forms the basis of our current belief regarding port suitability, hence we take this approach. The potential use of other environmental covariates is addressed in the Discussion.
Twelve months (April 2013-March 2014) of SST levels for the entire globe were sourced from https:// neo.sci.gsfc.nasa.gov on a 0.5 resolution. These values were then averaged over the 12 months span. To more accurately delineate locations within Australia that are potentially suitable habitat for P. viridis, only locations with SST within the optimal range for P. viridis were used. Therefore we let
Applying this optimal temperature range reveals the most suitable areas for P. viridis in Australia are north of 30 S latitude, and realistically north of the Tropic of Capricorn (Fig. 1) , similar to the habitable range for proposed by Summerson et al. (2007) and Hayes et al. (2008) . Note that Summerson et al. (2007) used a wider temperature range than was used here and Hayes et al. (2008) calculated the potential P. viridis range using seasonal averages instead of yearly average temperatures.
In a statistical sense, a model using SST can be used to generate a prior belief (w) that a port location is suitable for P. viridis. Data to calibrate such a model is available in Baker et al. (2007) , who provides a list of known worldwide introductions of P. viridis, including the vector. Two of these introductions (Cape Verde, Cook Islands) that were intentional (aquaculture) were unsuccessful and can serve as indicating unsuitable environment (y i ¼ 0 cases), particularly given the associated propagule introduction effort. We also include the introduction (spawning event) in Perth (Garden Island) on a naval vessel as a failure (i.e. 0), as during a major spawning event no mussels successfully colonized non-shipping surfaces. Values of SST were calculated for all n ¼ 19 locations with a known establishment outcome. These locations are: Cape Verde; Cook Islands; Garden Island, Australia; Singapore; Hong Kong; New Caledonia; Trinidad; Tampa, Florida; Fiji; Tonga; Tahiti; Western Samoa; Okinawa, Japan; Taiwan; Honshu, Japan; and Kingston, Jamaica. The establishment of P. viridis, y i , was then modelled via logistic regression as:
The predicted suitability w i for each Australian port i, was then calculated using the mean SST calculated as the mean of the surrounding nine grid cells (SST i ). The long-run suitability of Australian ports north of 30 S latitude (n ¼ 27) was then predicted as
We recognise that this is not the most sophisticated model that could be built. However, including available data on salinity and chlorophyll-a levels at the resolution available did not change the distribution materially. We consider the model to be adequate for our purposes, as the predictions are very similar to the models of Summerson et al. (2007) and Hayes et al. (2008) .
Estimating introductions
The rate of introductions (the ''approach rate'') of P. viridis was estimated using available data on biofouling and historical shipping records as the product of fouling rate and shipping volume summed over all possible vessel types (see Data Sources below within Results for details). That is,
where q t;i;j;k is the fouling rate/proportion of vessels/substrates of type k, from country j, arriving in region i, in year t and x t;i;j;k is the total number of vessels/substrates of type k, from country j, arriving in region i, in year t. We assume that the fouling rate is constant across all substrates, countries of origin, and time, as there is not enough resolution in the available fouling data to estimate time, country or substrate dependent values for q t;i;j;k , but a sensitivity analysis can be performed to investigate the importance of this parameter. There is some observational evidence (Richard Willan, personal communication) that P. viridis will attach on a wide range of substrates. We therefore set q t;i;j;k ¼ q.
A simple estimate of q is the ratio of observed fouled vessels arriving to the recipient country to the total volume of international vessels arriving from endemic P. viridis waters:
We use a Poisson regression model to estimate the total number of international vessel arrivals for each of the last 50 years, x t;i;j , using country of origin, year, and total imports from the country in Australian dollars (AUD). This approach was made necessary by the lack of shipping data over the time period of interest. The total value of imports by country to each individual state region is not readily available for the last 50 years, so import value to all of Australia was used. The proposed model is thus:
where Country j is a categorical variable. Predictions for years without shipping data available is then straightforward:
Let d t;i;j be the proportion of all international vessel arrivals that are from country j arriving in year t and in Australian region i. If we assume that shipping patterns are relatively constant over the last 50 years, then d t;i;j % d i;j . This can be estimated using all available shipping data to get
Finally, the total number of fouled vessels arriving in year t and region i from country j is estimated as
Updating invasion beliefs A summary of how estimates of the approach rate, habitat suitability and the historical record of interceptions and incursions in Australia can be used to update belief in the invasion parameters of P. viridis is as follows. First, prior beliefs for the region-based suitability of ports are derived from the temperaturebased habitat suitability models. This prior belief is updated on the basis of the number of fouled arrivals and the probability of establishment per arrival. We then update estimates of the probability of establishment per arrival, and the overall probability of establishment arising from all arrivals, conditional on the habitat being suitable.
Model specification
To estimate the probability that P. viridis can establish in a recipient region of interest. Let z be an state variable defined as z ¼ 0; if P:viridiscannot establish in recipient region 1; if P:viridiscan establish in recipient region.
The probability that P. viridis establishment is at all possible in a region is denoted by h. That is,
We model z as arising from a Bernoulli trial. That is, z $ BernoulliðhÞ, with the results from the species distribution model are used to inform the prior specification for h. For each region we estimate an average value of port suitability b h i ¼ 1 n r P r b w r , where the sum is over all ports in the region, n r is the number of ports under consideration in the region, and the b w r are the prior beliefs of suitability based on mean SST.
The value of h is informed (i.e. ''learning occurs'') as fouled vessels arrive in a region, depending on the outcome. If an establishment occurs, then z ¼ 1-that is, the habitat is suitable for establishment and remains that way (in the absence of habitat modification). If no establishment has occurred after N introductions we can update the probability that z ¼ 1 by multiplying by the probability that all of those entries resulted in no establishment. Formally, let p be the probability that a fouled entry results in an establishment and assume, a priori, that it has a Betaða; bÞ distribution. Then, if after N introductions there is no establishment, the joint posterior distribution (as denoted by square brackets) for recipient environment suitability and the establishment probability per introduction is defined by:
The marginal densities for suitability states (z ¼ 0 and z ¼ 1) are found by integrating with respect to p and normalizing, noting the conditional distribution for z ¼ 0 doesn't depend on p. Furthermore, conditional on the habitat being suitable, we can estimate the probability of an introduction resulting in establishment as
From a risk management perspective, we then wish to estimate the overall probability (p) of P. viridis establishing in a recipient region, given the approach rate of fouled vessels and the suitability of the port habitat. If z ¼ 0, then this probability is also zero. If z ¼ 1, we can estimate the conditional probability of establishment of P. viridis in the recipient region as a result of potentially multiple (say N) fouled vessel entries. With reasonable estimates of the approach rate and fouling rate, this can be estimated as:
wherep is the probability of establishment per individual fouled vessel arrival in that region assuming the habitat is suitable. The superscript for p in Eq. 10 indicates it is conditional on the recipient habitat being suitable. The value of p is assumed to be constant for each port within a recipient region. This is a conservative assumption as this aggregates all establishment events in a region into one data point for each year and region.
Overall risk
The final, unconditional probability of establishment is then defined as
Analyses were undertaken separately for each state region considered to be at risk of P. viridis invasion.
Computations were undertaken using the R statistical software (R Core Team 2018).
Results
Data sources: shipping volumes and fouling prevalence
The fouling rate (q) was estimated using naval vessel movement and inspection data sourced from the Australian Defence Science and Technology Organisation. The quality and thoroughness of naval vessel inspections provides an ideal sample of total international vessel movement with which to estimate q. During the time frame in which the navy has inspected its vessels for P. viridis (December 2007 to present), there have been eleven positive identifications of P. viridis ( x ¼ 60 AE 30 individuals of mixed age). That same time frame has seen 306 naval vessels travel from southeast Asia to Australia. For this study, all southeast Asian countries the navy visits within the native range of P. viridis were used. These countries are Brunei, China, India, Indonesia, Japan, Malaysia, Philippines, Singapore, Sri Lanka, Thailand and Vietnam.
The port history of each infested naval vessel indicates a stop in Singapore of 4-10 days within the previous 6 months. There were a total of 120 vessels arriving in Australia from Singapore. The proportion of infested vessels to total vessels provides an estimate of the fouling rate of P. viridis. If all vessels returning to Australia from southeast Asia are utilised, this estimated fouling rate is b q 1 ¼ 0:0359. If only those vessels returning to Australia from Singapore are considered, the estimated fouling rate is b q 2 ¼ 0:0917. As it is unknown where these naval vessels became infested with P. viridis, we use the mean of these two estimates as the estimate of fouling rate:
To estimate the number of international vessel arrivals (b x t;j in Eq. 7), the historical value of imports by country was sourced from Australian Bureau of Statistics (ABS) Yearbooks from 1963-1964 to 2012-2013 . Historical international vessel arrivals for 1998 to 2013 were sourced from Lloyds List Intelligence (LLI) via the Bureau of Infrastructure, Transport and Regional Economics (BITRE). Model Eq. 6 was then fit and estimates calculated for all years 1964-2013.
The estimated number of international vessel arrivals values show an exponential growth pattern, with little change in the relative contribution for different countries other than China, with growth in vessel numbers rising disproportionately over the past 15 years.
Approach rate and prior habitat suitability
The estimated number of fouled vessels arriving in each state region, b N t;i , is substantial (from Eq. 9), and this has been the case for several decades at least (Fig. 2) . Queensland, followed by Western Australia then the Northern Territory has consistently received the most visits from vessels fouled with P. viridis, with the estimated number of events approaching 100 annually (Fig. 2) . Cumulatively, we estimate there have been thousands of fouled vessels visiting Australian waters over the past 50 years.
These fouled ships are arriving in regions where the habitat is projected to be highly suitable. Indeed, the species distribution model based on SST predicts that on the balance of probability, all ports north of 30 S latitude are suitable for P. viridis-in fact the probabilities would be considered high (Table 1) . Averaged over ports within state regions, the mean projected suitabilities are 0.93 for the Northern Territory, 0.85 for Western Australia and 0.83 for Queensland.
Prior distribution on establishment probability p
The probability of establishment fouled vessel entry is difficult to identify. A male and female P. viridis must both enter the port undetected, be sexually mature, spawn within a small window, and their progeny settle in the port environment and avoid predation and other challenges to establish. This could well vary according to the time of year. A common default approach to accommodate this uncertain prior knowledge for p i would be to use an uninformed (i.e. ''flat'') prior on the interval 0-1 [e.g. a Betað1:0; 1:0Þ distribution]. This is unsatisfactory, however, as there are many forces acting against successful life-cycle completion, hence we have little belief that p i could in fact equal one (implying 100% of fouled vessel visits to suitable habitat will result in establishment). Choosing a Betað1:01; 1:01Þ, for example, down-weights our prior belief in certain success or failure, but still places equal weight on a high establishment probability. This is also unsatisfactory, however, as in sub-optimal habitats spawning may be strongly seasonal (Vakily 1989) , in which case only the corresponding ship visits would have a chance of establishment. After taking these factors into account, we use a Betað2; 30Þ distribution as a prior distribution for p i . This distribution is heavily weighted towards zero, has a mean value of c. 0.06 (i.e. about 1 in 20 visits of a fouled ship will result in establishment) and about 95% of the probability is less that 0.15 (Fig. 3) . Examples of how belief in the value of p decreases with increasing number of failed introductions are shown (Fig. 3) .
Updating habitat suitability
Starting from 1964, the updated (posterior) belief in the habitat suitability of Australian regions of interest for P. viridis establishment declines rapidly for both Queensland and Western Australia compared to the Northern Territory (Fig. 4) . The difference in the rate of change in belief is driven by the Northern Territory having many fewer fouled vessel arrivals (Fig. 2) . By year 2013, the revised belief in the habitat suitability of Western Australian is near-zero (0.14%), and for the Northern Territory 4.5%-these are greater than order of magnitude reductions in the belief of suitability. In contrast, following the incursion of P. viridis reported in 2001 (Stafford et al. 2007 ), the estimated habitat suitability for Queensland jumps to one, and by definition remains there (once suitable always suitable barring long-term habitat changes). The sense of this is explored further in the Discussion
Updating probability of establishment
Conditional on the habitat being suitable for establishment, the estimated probability of establishment per introduction declines quickly as the cumulative number of fouled vessel visits with no incursions mounts, reaching 0.02% in Western Australia and 0.4% in the Northern Territory (Fig. 5) . In Queensland, following the recorded incursion of P. viridis in 2001, there is a barely perceptible rise in the estimate for p, after which it resumes its downward trajectory in response to further ongoing introductions without establishment, finishing at 0.1% (Fig. 5) . Habitat is assumed suitable
Year P(Z=1) 1965 1970 1975 1980 1985 1990 1995 2000 2005 (Fig. 6 ). At this point, the estimated yearly probability of establishment in Queensland undergoes a step change increase in response to the recorded incursion. In addition, the estimated probabilities remains more or less constant (c. 11%) despite the accumulation of further failed introductions on account of the increase in the estimated number of fouled arrivals (Fig. 6 ). For the Northern Territory and Western Australia, yearly probability of establishment drop to 0.4% and 0.02%, respectively.
Discussion and conclusions
We have illustrated how prior belief on the ability of an exotic organism to establish (here based on species distribution modelling) can be updated empirically on the basis of knowledge or estimation of failed introductions. In the case of P. viridis, despite a high approach rate (also referred to as propagule pressure), the species has failed to establish any self-sustaining populations anywhere in Australia, calling into question the prior expectation of high habitat suitability on the basis of a seas surface temperature based species distribution model. In doing so we've added at quantitative layer to the arguments of Wells (2017). Under the Bayesian paradigm we've updated these beliefs in the ability of a species to invade. Under a hypothetico-deductive approach we would reject the null model as being useful (here the SDM in concert with prior establishment parameters), and seek to find a better one that can withstand the challenge of data.
Our results also highlight the short-comings of modelling purely on a presence-absence basis (ignoring abundance). On the basis of a single incursion (that failed to persist), we have changed our belief entirely regarding the suitability of the Queensland region for P. viridis establishment. This is a conservative approach. Note, however, the inability of the population in Trinity Inlet to ''take-off'' despite considerable opportunity to do so suggests this was a less than optimal environment for P. viridis. Given that the impact of invasive species is generally modelled as an increasing function of abundance (e.g. Parker et al. 1999 ; except for trade-related pests), it makes more sense to explicitly model the abundance of species of concern. Bradley et al. (2018) argue for the importance of explicitly modelling abundance, utilising data sets that record a measure of actual abundance (including zero's), when undertaking risk assessments.
The contradiction between the species distribution model and the apparent lack of establishment of any significant populations could come about in two ways. First, it could simply be that the establishment success per introduction is very small due to hurdles faced by P. viridis during the initial colonization phase. An alternative explanation for the lack of establishment success of P. viridis could be that some other factor may be rendering the environment unsuitable, thus preventing this species from establishing in Australia. That is, the model being projected is under-or misspecified. Potential unexplored factors include predation, competition, or some other physical or environmental parameter. Further research attempting to resolve the reasons for this contradiction between the species distribution model and the apparent lack of establishment would be appropriate. Guidelines (e.g. Elith and Leathwick 2009) and software Hijmans et al. (2017) are readily available for constructing models, along with guidance to try and build the best model possible. We note, however, that the challenges of projecting models to new environments remain considerable.
After combining information sources, we demonstrate that on a yearly basis, the estimated risk of P. viridis establishing in Australia is low and declining. This estimated likelihood will continue to decrease into the future in the event of no further populations establishing. Our methods are also applicable to updating invasion beliefs on the basis of deliberate experimental introductions, such as approaches VII (Assessment of species deliberately introduced beyond the current range without environmental manipulation) and VIII (as for VII though with environmental manipulation) of Mack (1996) . It was pointed out by a sharp-eyed reviewer that our approach hasn't fully propagated all uncertainty through, particularly in relation to uncertainty in the predictions of original SDM evaluation.
The key thing we have demonstrated here is how to update such probabilistic beliefs. More detailed analyses that accommodate for the full uncertainty in prior beliefs are possible.
In conclusion, we have provided estimates of the establishment risk of P. viridis in Australia using available data. The results are sensitive to the initial (prior) belief for the probability of establishment arising from a fouled vessel arrival. Strictly speaking, the inference we have presented is restricted to existing ports used in the analysis and the conditions experienced, including the visitation times of vessels. It may not hold for ports in new locations, or existing ports with changed environmental conditions (e.g. through changed land use in river catchments). There is a need for ongoing updating of establishment risk and habitat suitability in the light of additional data on incursions, vessel based fouling rates and the role of other vectors. It remains an open question whether P. viridis can be considered a truly invasive marine species in Australian waters. The empirical approach used here indicates this may not be the case based on the evidence to date. Management agencies can use the inference as part of a reassessment of the risks posed by P. viridis to the economy and environment.
